Background: Virtual reality (VR) is a potentially promising tool for enhancing real-world locomotion in individuals with mobility impairment through its ability to provide personalized performance feedback and simulate real-world challenges. However, it is unknown whether novel locomotor skills learned in VR show sustained transfer to the real world. Here, as an initial step towards developing a VR-based clinical intervention, we study how young adults learn and transfer a treadmill-based virtual obstacle negotiation skill to the real world.
Background
In recent years, virtual reality (VR) has been increasingly used to provide engaging, interactive, and task-specific locomotor training [1] [2] [3] [4] [5] [6] [7] [8] . These studies have simulated walking in different environments such as parks or streets [3, 4] , walking on a slope [3] , or walking while avoiding obstacles [3] [4] [5] 7] . VR-based locomotor training frequently includes obstacle negotiation because it is an essential locomotor skill in the community [4, 5, 7] and tripping over obstacles is a common cause of falls in many patient populations [9] . The clinical application of VR-based training interventions is predicated on the idea that practice in VR will lead to lasting changes in trained skills and that these changes will influence real-world behavior. Therefore, understanding how locomotor skills acquired in VR are retained and how these skills generalize to the real world is critical for determining the long-term utility of VR for locomotor rehabilitation.
The presence of lasting changes in a motor skill as a result of practice is a hallmark of motor learning and this retention process has been examined across a wide variety of real and virtual learning contexts. Retention of motor skills has been examined in response to VR training, particularly in fields such as flight and medical procedural training. For example, complex surgical and medical skills are performed faster and more accurately during a retention session following a single day of VRbased training [10] [11] [12] [13] . Retention of locomotor skills is often explored in studies that analyze how people adapt to external perturbations such as a split-belt treadmill which has separate belts for the right and left legs [14] [15] [16] , elastic force fields [17] , robotic exoskeletons [18] , or added loads [19] . For instance, studies of split-belt treadmill adaptation have revealed that the increases in step length asymmetry observed during initial exposure to the belts moving at different speeds significantly decreased with subsequent exposures to the device [14] [15] [16] . A recent study by Krishnan and colleagues also investigated locomotor skill learning during a tracking task in which participants were instructed to match a pre-defined target of hip and knee trajectories as accurately as possible during the swing phase of the gait [20] . They found that the reduction in tracking error achieved through practice is retained the following day. Although motor skill learning in VR and locomotor learning have been examined in isolation, it remains to be seen how locomotor skills are acquired and retained following training in a virtual environment.
Skill transfer, which is defined as "the gain or loss in the capability for performance in one task as a result of practice or experience on some other task" [21] , is another key feature of motor learning. Skill transfer is particularly critical when skill acquisition occurs in a context that differs from the environment in which the skill is to be expressed. One way in which skill transfer has been evaluated during motor learning is by measuring how the adaptation of reaching in a robot-generated force field generalizes to unconstrained reaching. This work has shown that adaptation to reaching in a curlfield leads to increased curvature during reaching in free space [22, 23] . Moreover, studies of treadmill-based locomotor skill learning often evaluate transfer of learned skills from treadmill walking to over-ground. For example, during split-belt treadmill adaptation, the learned changes in interlimb symmetry partially transfer to over-ground walking [24] . Further, VR-based training of obstacle negotiation on a treadmill led to increased walking speeds in the lab [5, 7] and community [4] . However, the evaluation of transfer in these VR-based training studies was based on outcome measures such as walking speed that did not reflect the objective of the training task, which was the control of foot clearance obstacle negotiation. Therefore, it remains to be seen if the elements of skill from VR-training transfer to overground walking.
Underlying individual differences in learning can influence motor skill retention and transfer to new environments. For example, a recent study demonstrated that healthy older adults and people post-stroke who acquire a motor sequence skill at a faster rate also show greater retention of that skill [25] . Similarly, the rate of skill acquisition for a reaching task during early training predicts faster trial completion time at 1-month follow-up [26] . Lastly, the magnitude of improvements in reaching speed during skill acquisition predicts long-term changes in reaching speed in healthy individuals [27] . Studies of individual differences in transfer have most often sought to understand how the practice of a skill with one limb influences performance of the same skill with the untrained limb. For example, interlimb transfer of motor skills acquired through visuomotor adaptation varies with handedness [28] and individual differences in baseline movement variability [29] . However, far less work has sought to understand how individual differences in skill acquisition affect the transfer of learned skills to new environments. Overall, the influence of individual differences in skill acquisition on locomotor skill retention and sustained transfer has yet to be determined.
Here, we determined how individual differences in locomotor skill learning during virtual reality treadmillbased training influence retention and transfer of learned skills to over-ground walking in the real world. We used a VR-based version of a previously established precision obstacle negotiation task [30, 31] and asked 1) whether healthy young adults could learn to minimize clearance during virtual obstacle negotiation, 2) if the learned skill transferred to over-ground walking, 3) if the learned skill was retained in both VR and the real world after 24 h, and 4) if individual differences in the amount or rate of skill acquisition could predict retention and transfer. We hypothesized that 1) participants would reduce foot clearance in VR during practice on Day 1 and that 2) the reduced foot clearance in VR would transfer to overground obstacle negotiation. We also hypothesized that 3) the reduction in foot clearance in VR and overground would be retained in each environment after a 24-h retention period. Lastly, given that the rate and magnitude of the performance improvement during skill acquisition have been established as predictors of skill retention in previous studies, we also hypothesized that 4) these measures would predict retention of the learned skill in VR and over-ground. Given the growing use of VR for motor skill learning, our results may provide a unique opportunity to understand the factors that influence how training in VR might lead to long-term improvements in skilled locomotion.
Methods

Participants
Nineteen healthy young adults participated in the study (10 female, average age of 26 ± 4 years). All participants had normal vision or corrected-to-normal vision. Study procedures were approved by the Institutional Review Board at the University of Southern California and all participants provided written, informed consent before testing began. All aspects of the study conformed to the principles described in the Declaration of Helsinki.
Experimental protocol
Participants completed a VR-based version of a previously established obstacle negotiation task [30, 31] where they were instructed to minimize foot clearance when crossing the obstacle. This task was specifically chosen because it allowed us to examine a form of skill acquisition which requires participants to learn a precise mapping between the perception of the spatial location of virtual obstacles and the control of foot trajectory. Participants walked on a treadmill (Bertec Fully Instrumented Treadmill, USA) while wearing a head-mounted display (HMD) and interacting with the virtual environment. The velocity of the virtual environment was synchronized with the treadmill at 1.0 m/s, and an IMU within the HMD controlled the orientation of the viewpoint. The virtual simulation was run at 60 Hz and the motion capture system had a real-time delay of 3.5 ms. All participants were instructed to lightly hold on to a handrail while walking on the treadmill. Participants viewed the environment (Fig. 1a) and the virtual representation of their legs from a first-person perspective (Fig. 1b) . Their body was represented by a set of spheres located at the hip, knee, heel, and toe, bilaterally and lines connecting the spheres to represent the limb segments [32] . Marker placement details are described below in the Data Collection and Processing section.
The virtual environment consisted of a corridor with obstacles ( Fig. 1a) and was developed using Sketchup (Trimble Navigation Limited, USA). The interaction between participants and the virtual environment was controlled using Vizard (WorldViz, USA). A total of 40 virtual obstacles, 20 each on the right and left side, were randomly placed along the corridor at intervals of between 5 m and 10 m to provide sufficient space for participants to fully recover their typical gait pattern after crossing the previous obstacle. Previous work has also established that a distance of 2 m between obstacles is sufficient for people to cross each obstacle as if it was independent of the others [33] . The height of the obstacles was adapted from the previous study, which used the same objective of minimizing foot clearance, but with a physical obstacle [34] . The obstacles were 0.14 m in height and 0.10 m in depth. The placement of the obstacles was lateralized so that participants either crossed the obstacle with the right or left leg. In VR, the mediolateral distance between the feet was constrained such that participants only saw movement of their legs in the sagittal plane. We imposed this constraint to ensure bilateral obstacle negotiation. An Oculus Rift Development Kit 2 HMD was used to display the virtual environment. The HMD had a 100-degree horizontal and vertical field of view, a resolution of 960 X 1080 pixels for each eye, a mass of approximately 450 g and 100% binocular overlap.
The study consisted of two visits on consecutive days (Fig. 1e) . On Day 1, participants first walked overground while stepping over a single physical obstacle ten times without the HMD (BASE, Fig. 1d ). If there was a collision during physical obstacle negotiation, participants repeated the trial. Then, they moved to the treadmill and donned the HMD. For the first treadmill trial, they walked while stepping over 20 obstacles while receiving auditory feedback in the form of an unpleasant sound following collisions with the obstacles (BASE_ VR). Following BASE_VR, participants had three practice blocks of obstacle negotiation in VR and each block consisted of 40 obstacles. Between blocks 2 and 3 we evaluated immediate transfer by having participants perform a physical obstacle negotiation task ten times overground without the HMD (TF). In all trials, participants were instructed to cross each obstacle using only the limb ipsilateral to the obstacle and to minimize the vertical distance between the foot and the obstacles during the crossing. During the over-ground obstacle negotiation task, we instructed participants to use either the right or left leg to step over the obstacle prior to walking. The right-left order of the ten trials was randomized for each participant. Moreover, for over-ground walking, participants were instructed to maintain their walking speed throughout obstacle negotiation and avoid slowing down during the approaching and crossing step. During the training blocks, participants received three types of auditory performance feedback: 1) a pleasant sound when foot clearance was within a target range of 0-2 cm, which was used to be consistent with previous studies [30, 31] , 2) an error sound whose frequency scaled with foot clearance when clearance was greater than 2 cm, and 3) a failure sound following collisions with the obstacle (Fig. 1c) . Participants began each trial with 40 points and lost one point for each collision with the obstacle. After 24 h, participants returned to the laboratory and completed one retention block of 40 obstacles in VR with no auditory feedback other than collision feedback (RET_VR). We then assessed over-ground retention (RET_OG) in the same manner as BASE.
Data collection
Participant's lower extremity kinematics were tracked using infrared-emitting LEDs (Qualisys, Sweden) placed on the following landmarks bilaterally: toe (approximately the second toe), heel, lateral femoral epicondyle, and greater trochanter. During virtual obstacle crossing, the vertical distance between the obstacle and both the toe and heel markers was calculated throughout the crossing step based on the raw marker position data, and the lowest value between the two markers was used as our measure of foot clearance. For over-ground obstacle trials, marker positions were recorded at 100 Hz in Qualisys Track Manager and were post-processed with a 4th order Butterworth low pass filter with a cutoff frequency of 6 Hz. Here, the measure of foot clearance was the same as trials during virtual obstacle crossing.
Statistical analysis
The change in foot clearance during baseline and training trials was modeled using a nonlinear, exponential mixed-effects (NLME) model to capture the exponential time course of learning [35] and individual differences in the initial and final performance. The advantage of using NLME models over individual exponential fits is that NLME models can provide more precise parameter estimates and explain more variance than individual exponential fits [36] . Moreover, NLME models also capture fixed effects that are common across individuals. Data from the baseline trial were included because participants were instructed to minimize foot clearance during this session and exhibited improvements in performance over the trial. The NLME model consisted of an exponential decay term to capture the reduction in foot clearance during acquisition and constants that captured initial performance and the performance plateau (Eq. 1):
Here, c FC i; j was the estimated foot clearance for each participant (i = 1:19) and each obstacle (j = 1:N) where N is the number of obstacles that were crossed successfully (maximum: 140). A i represents the approximate reduction in foot clearance over the course of practice for Line segments connecting the spheres were used to provide a visual representation of limb segment length. During the study, participants viewed the representation of the lower extremities from a first-person viewpoint. c Schematic diagram of the mapping between the participant's performance and the auditory feedback they received. d Over-ground obstacle negotiation setup. e Experimental protocol illustrating the day of the study, the trial type, number of obstacles per trial, and whether auditory performance feedback was provided our sample. tau i represents the individual acquisition rate. Only obstacles crossed without collisions were included in the model because foot clearance during collisions would result in negative values. c FC i; j , A i , and D i were expressed in meters and tau i was expressed in units of obstacles. Model parameters were estimated using NLME fit with stochastic Expectation-Maximization algorithm function, nlmefitsa, from MATLAB R2017a (Natick, MA). The sum of the fixed and random effects from these models represented participant-specific effects. R 2 values were used to measure the goodness of fit of the final models. There was no significant difference in foot clearance during skill acquisition between the left and right legs (t(184) = − 0.17, p = 0.87). Therefore, we analyzed all obstacles together in a single ensemble.
The definitions of all dependent variables that were derived from the NLME model and measured foot clearance are found in Table 1 . We estimated initial and final clearance, the relative and absolute amount of skill acquisition, and lastly, acquisition rate. Together, these variables were used to test how skill acquisition and performance during practice related to retention. Initial clearance represented the estimated foot clearance at the first obstacle. Final foot clearance was estimated by summing the amplitude of the exponential term at the end of practice and the asymptote. The absolute amount of skill acquisition was estimated from the model as the change in clearance from the first obstacle to the last obstacle. The relative amount of skill acquisition represented the change in performance from each individual's initial foot clearance to final foot clearance normalized by the initial foot clearance and expressed as a percentage.
We quantified the absolute magnitude of transfer to over-ground walking on Day 1 (absolute transfer) as the difference in foot clearance between the TF and BASE blocks. Each of these metrics was computed as the average foot clearance over the ten obstacles during each trial. We conducted an additional analysis using a linear mixed-effects model with a fixed effect of trial and a random intercept for each participant to test whether there were any within-block changes in clearance over the ten obstacles. We also quantified the fraction of the improvement in skill in VR that was transferred to overground walking on Day 1 (relative transfer) as the ratio of absolute transfer to the amount of skill acquisition estimated from the NLME model expressed as a percentage. Foot clearance during RET_VR was computed as the average foot clearance over all obstacles after removing obstacle crossings where collisions occurred. Retention of the locomotor skill in VR on Day 2 was calculated as the difference in foot clearance between RET_VR and END_VR where each of these measures was the average of all successful obstacle crossings in each block. Similarly, over-ground retention was computed as the difference in clearance between RET_OG on Day 2 and TF on Day 1. Because the goal of the task was to reduce foot clearance, more negative values indicated a larger improvement. Foot clearance during overground trials was averaged across ten trials.
Dependent variables calculated for absolute transfer, relative transfer, and over-ground retention were tested for normality using the Lilliefors test in MATLAB. If the variables satisfied the normality test, single-sample t-tests were performed to test whether participants transferred the obstacle negotiation skill to over-ground walking, whether they showed relative transfer during over-ground walking, and whether they retained the reduction in foot clearance in VR and over-ground on Day 2. If the variables did not satisfy the normality test, one-sample Wilcoxon signed-rank tests were performed instead.
We also used multiple linear regression to determine whether the amount or rate of locomotor skill acquisition during practice predicted retention of the obstacle negotiation skill in VR and over-ground on Day 2, respectively. Specifically, we hypothesized that the relative amount and rate of skill acquisition would predict retention in VR, similar to what has been observed in previous studies [25] [26] [27] . The set of predictors for retention in VR included final foot clearance and the absolute and relative amount of skill acquisition from Eq. 1. The predictors for over-ground retention included each of these predictors, foot clearance during BASE and TF, and the change in over-ground foot clearance on Day 1. The predictors included in each regression model were tested for multicollinearity using the Variance Inflation Factor (VIF). If the predictor had VIF higher than 5, which indicates that the predictor was highly correlated with other predictors, that predictor was removed from the model. After removing collinear variables, we used the best subset selection method for variable selection and selected the model with the lowest Bayesian Information Criterion (BIC) [37] . The alpha level was set at p < 0.05. All statistical analyses were done in MATLAB. 
Results
Acquisition and transfer of skilled obstacle negotiation
All participants successfully reduced their foot clearance throughout practice on Day 1 (Fig. 2) . The average R 2 for the NLME model was 0.33 ± 0.22 (SD). The average of the exponential amplitude parameter A i was 0.09 ± 0.04 m. The average time constant tau i was 21 ± 18 obstacles, which indicated that, on average, individuals needed to successfully negotiate 21 obstacles to achieve 66% of their total reduction in clearance. Lastly, the average of the constant D i was 0.04 ± 0.01 m. Based on our parameter estimates, foot clearance during virtual obstacle negotiation in VR was reduced by 69 ± 15% during the acquisition period on Day 1. The average number of collisions was 3 ± 3 out of 20 obstacles and 20 ± 10 out of 120 obstacles in BASE_VR and practice blocks, respectively. Practice in VR led to a transfer of reductions in foot clearance to over-ground walking at the end of Day 1 (Fig. 3a) . The average walking speed over-ground was 0.9 ± 0.1 m/s, which was similar to the speed on the treadmill. Single-sample t-tests revealed that there was a reduction in foot clearance of 0.03 ± 0.01 m (t = − 10.28, p < 0.001) from BASE to TF on Day 1 and this corresponded to a relative transfer of 32% (interquartile ratio (IQR) 16%, Wilcoxon signed rank test, z = 3.82, p < 0.001). Additionally, we tested for potential within-block improvement during walking over-ground. There was no significant difference in foot clearance when comparing the first trial and last trial during BASE (t(180) = 0.21, p = 0.83) or during TF (t(180) = 0.78, p = 0.43), which indicates that there was no within-block improvement during over-ground trials (Fig. 3c) .
Retention of skilled obstacle negotiation
When participants returned to the lab 24 h later, they generally retained the level of performance they achieved at the end of Day 1 (Fig. 2) . The average number of collisions was 2 ± 2 out of 40 obstacles. Single-sample ttests demonstrated that there was a small, but significant increase in foot clearance of 0.008 ± 0.01 m (t = 2.57, p = 0.02) from END_VR on Day 1 to RET_VR on Day 2, which indicates that there was some forgetting of the skill. However, there was no significant change in clearance from TF on Day 1 to RET_OG on Day 2, which indicates that this skill was retained after a 24-h retention interval (Fig. 3b) . There was no significant difference between the first and the last trials during RET_OG (t(180) = 1.13, p = 0.26), which indicates that participants sustained the level of performance throughout the overground trials on Day 2 (Fig. 3c) .
Prediction of retention in VR and over-ground
After obtaining individual model parameters A i , tau i , and D i , we then calculated acquisition-related variables (Table 1) to identify potential predictors of performance during retention. The final model with the lowest BIC Fig. 2 Individual foot clearance data and fit from the NLME model. Gray points represent foot clearance during each obstacle crossing in VR on Day 1, the black curve represents the participant-specific fit from the NLME, and the dashed curve represents the group level fit of the NLME. The black points and error bars after the gray dashed vertical line represent the average and standard deviation of foot clearance in VR on Day 2, respectively included only the estimated final foot clearance during acquisition as a significant predictor of retention in VR (Adjusted R 2 = 0.40, t = 3.60, p = 0.002, β = 1.14, standard error (SE) = 0.33, Fig. 4a ). Participants who achieved lower foot clearance at the end of Day 1 were more likely to maintain a low foot clearance on Day 2. This association indicates that the performance at the end of practice is an important predictor of 24-h retention.
Variable selection for the model of over-ground retention demonstrated that foot clearance during transfer to over-ground on Day 1 was the only significant predictor of retention in over-ground (Adjusted R 2 = 0.42, t = 3.72, p = 0.002, β = 0.50, SE = 0.13, Fig. 4b ). Specifically, lower clearance during RET_OG was associated with lower foot clearance during TF on Day 1. Together, the results suggest that the degree of transfer to a new context on Day 1 is an important predictor of how performance in that context is retained 24 h later.
Discussion
The objectives of this study were to determine how individual differences in obstacle negotiation skill acquisition in VR influence retention and transfer to over-ground walking. We found that our participants successfully reduced foot clearance as instructed during practice trials, transferred the reduced foot clearance to over-ground obstacle negotiation, and retained the reduced foot clearance after 24 h. Furthermore, retention in each environment was associated with measures of performance during practice in the same environment. Together, our results demonstrate that locomotor skills can be learned in VR and that measures of performance during skill acquisition predict retention in a context-dependent manner.
A previous study that used the same instruction to minimize clearance during physical obstacle negotiation found that participants reduced their foot clearance by about 40% during a single day of acquisition [31] . Based on our NLME results, foot clearance during virtual obstacle negotiation in VR was reduced by a mean of 69 ± 15% during locomotor skill acquisition on Day 1. Further, we found evidence of forgetting after a 24-h retention period, but the performance decrement was small.
The similarity in performance improvement in physical training from the previous study [31] and virtual training from our study suggests that obstacle negotiation skills are learned similarly in VR and the real world. However, the absolute initial and final foot clearance during practice were higher in our study than the previous study. Initial and final foot clearance in the van Hedel and Dietz study was approximately 5 cm and 2 cm, respectively while in our study was approximately 13 cm and 4 cm, respectively. The exaggerated foot clearance in VR may be due to the overestimation of obstacle height as individuals tend to overestimate height in VR [38] . This over-estimation may limit the degree to which participants are capable of reducing foot clearance to avoid a collision. Nevertheless, these results suggest that VR has the potential to be used as a locomotor skill learning tool that can facilitate skill transfer and retention in the real world.
Transfer and retention of locomotor skills learned in virtual reality
In line with our hypothesis, the reduction in foot clearance in VR during practice on Day 1 was transferred to over-ground walking. After practicing in VR, individuals reduced their foot clearance during over-ground walking by a mean of 21 ± 9% relative to baseline. When this change was expressed relative to the change in performance from the beginning to the end of practice in VR in a similar manner as Torres-Oviedo and Bastian [24] , this corresponded to a median relative transfer of 32% (IQR 16%). This level of relative transfer was comparable to what has been observed during adaptation to a gradual perturbation during split-belt walking where aftereffects in over-ground walking were~35% of the difference in performance between baseline and catch trials [24] . Together, these results demonstrate that locomotor skills acquired through both implicit adaptive learning, which primarily involves the cerebellum [39, 40] , and more explicit skill-based learning, which is more associated with the prefrontal cortex [40, 41] , transfer to environments that differ from that in which training occurred. Given that the neural processes underlying these two types of learning differ markedly from one another, the similarity in transfer between these studies may reflect a fundamental feature of how skills learned on a treadmill transfer to over-ground walking.
It would be of interest for future studies to determine how transfer differs following over-ground VR-based training relative to when VR training is implemented on a treadmill. This could help further establish which features of the training environment are most important for promoting transfer of learning to the real world.
Our results are not consistent with those from a recent study of skilled upper extremity motor learning which did not transfer from VR to the real world [42] . When participants acquired a sequential isometric pinch task in VR, subsequent performance of the same task in the real world was significantly slower and approximately 29% less accurate than performance in the last block of practice in VR, suggesting that there was a decrement of performance from VR to the real world. However, this discrepancy may stem from differences in our measure of transfer. Here we calculated transfer as the difference in performance from a baseline over-ground trial, which occurred before practice and a post-practice trial which also occurred over-ground. In contrast, Anglin and colleagues calculated transfer as the difference in performance between the end of practice in VR and a subsequent practice trial in the real world. Therefore, their results may reflect aspects of transfer of skill acquisition, context-dependent differences in performance, or both. Future studies should record baseline performance in each context to assess transfer of motor skills from VR to the real world.
The reduction in foot clearance on Day 2 was generally retained in VR and over-ground relative to the last block of each environment on Day 1. Although we observed significant forgetting of the locomotor skill in VR after 24 h, the increase in foot clearance on Day 2 compared to the end of practice was only 8 mm. Given that the reduction in foot clearance during skill acquisition was 9 cm, an 8 mm performance decrement can be considered negligible. Studies of split-belt treadmill adaptation consistently reported a~80% reduction in step length asymmetry after multiple days of practice [14] [15] [16] . Moreover, individuals who learned to track a target during the swing phase of gait retained approximately an 38% reduction in tracking error compared to baseline on Day 1 [20] . We observed a 59% reduction of foot clearance from baseline to retention in VR. These results demonstrate that locomotor skills can be acquired and retained following multiple forms of practice including treadmill-based VR training.
We also found that there were no changes in foot clearance during over-ground retention relative to the overground transfer trial on Day 1. There are two potential explanations for this observation. First, this may reflect the fact that retention during over-ground walking was comparable to retention in VR. Second, it is possible that some of the observed retention during over-ground walking on Day 2 may have resulted from the additional practice performed during the retention block in VR as this was always tested before retention in over-ground. These potential explanations could be disambiguated in future studies where the evaluation of retention in the non-trained environment and retention in VR are counterbalanced.
When considering VR-based rehabilitation, however, it is important to note that aging and pathology can affect the level of retention and sustained transfer. Learning impairments could result from neurodegenerative changes such as atrophy of prefrontal gray matter or impairment of the frontostriatal network, which are important in motor learning [43] [44] [45] [46] . For example, Parkinson's disease may reduce an individual's ability to transfer learned motor skills due to declines in executive functions such as working memory and cognitive flexibility or an inability to form accurate motor memories of the task [47] .
Performance in each environment was a strong predictor of retention in the same environment
The level of foot clearance measured during retention in VR on Day 2 was strongly associated with the final foot clearance during acquisition in VR such that participants who achieved lower clearance at the end of acquisition also achieved lower clearance during retention. In contrast to previous literature where the amount and rate of performance change during skill acquisition predicted motor skill learning [25] [26] [27] , neither the amount nor the rate of skill acquisition were important predictors of retention in VR on Day 2. Although previous studies did not explicitly investigate performance at the end of the practice block as a potential predictor, final performance may have been associated with other significant predictors found in previous studies such as the amount and rate of skill acquisition. Other work has shown that the level of performance during acquisition is not always related to performance during retention [21, [48] [49] [50] . For instance, Schmidt and Djork (1992) found that features of practice that impaired performance during acquisition such as a random practice schedule, reduced feedback frequency, or contextual interference enhanced long-term retention [48] . Understanding how the practice structure used during VR-based training influences long-term retention and transfer is an important area of future study.
Retention of foot clearance during over-ground walking on Day 2 was also associated with foot clearance during the over-ground transfer block, which is equivalent to final foot clearance over-ground on Day 1. Individuals who achieved lower foot clearance during transfer on Day 1 exhibited lower foot clearance during retention on Day 2. This is consistent with the primary predictor of retention in VR and together provides evidence that the final level of performance during practice is an important predictor of retention. Given the moderate amount of variance accounted for by our models of retention performance, there are likely important, potentially subject-specific, factors such as variance in the amount of forgetting between days that also influence retention performance. Overall, the context-specificity of predictors of retention suggests that different memory processes may underlie the expression of the learned locomotor skills in differing contexts. Therefore, measures of transfer in addition to retention are important to fully predict lasting effects of VR training on locomotor performance.
Conclusion
Retention and transfer of motor skills are integral features of motor skill learning and form the basis by which training in virtual environments can impact real-world behavior. Here, we demonstrated that individuals could acquire a strategy for skilled obstacle negotiation in VR, transfer the skill to over-ground walking, and retain the skill after 24 h. Moreover, the extent of retention and transfer was predicted by individual differences in the final performance in a context-dependent manner. Specifically, performance measures in each environment were strongly correlated with retention performance in the same environment. Overall, our findings support the use of VR as an effective tool to train skilled obstacle negotiation and facilitate the transfer of improvements in obstacle negotiation to the real-world.
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